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Although it is widely accepted that nouns and verbs are functionally independent linguistic
entities, it is less clear whether their processing recruits different brain areas. This issue
is particularly relevant for those theories of lexical semantics (and, more in general, of
cognition) that suggest the embodiment of abstract concepts, i.e., based strongly on
perceptual and motoric representations. This paper presents a formal meta-analysis of the
neuroimaging evidence on noun and verb processing in order to address this dichotomy
more effectively at the anatomical level. We used a hierarchical clustering algorithm
that grouped fMRI/PET activation peaks solely on the basis of spatial proximity. Cluster
specificity for grammatical class was then tested on the basis of the noun-verb distribution
of the activation peaks included in each cluster. Thirty-two clusters were identified: three
were associated with nouns across different tasks (in the right inferior temporal gyrus, the
left angular gyrus, and the left inferior parietal gyrus); one with verbs across different tasks
(in the posterior part of the right middle temporal gyrus); and three showed verb specificity
in some tasks and noun specificity in others (in the left and right inferior frontal gyrus and
the left insula). These results do not support the popular tenets that verb processing is
predominantly based in the left frontal cortex and noun processing relies specifically on
temporal regions; nor do they support the idea that verb lexical-semantic representations
are heavily based on embodied motoric information. Our findings suggest instead that the
cerebral circuits deputed to noun and verb processing lie in close spatial proximity in a
wide network including frontal, parietal, and temporal regions. The data also indicate a
predominant—but not exclusive—left lateralization of the network.
Keywords: neuroimaging, noun-verb dissociation, meta-analysis, clustering algorithm, task demand, left inferior
frontal gyrus
INTRODUCTION
Following the seminal report of a dyslexic patient who was
predominantly impaired in reading verbs compared to nouns
(Holmes et al., 1971), substantial evidence has been accumulated
which supports the hypothesis that noun and verb represen-
tations are functionally independent in the human cognitive
system. This evidence sources primarily from neuropsychologi-
cal studies describing various patients whose behavior collectively
supports the case for double noun-verb dissociation (Miceli et al.,
1984; Hillis and Caramazza, 1995; Berndt et al., 1997; Luzzatti
et al., 2002; Crepaldi et al., 2006), but is also confirmed by sev-
eral psycholinguistic studies in which nouns and verbs give rise to
different pattern of priming effects (Sereno, 1999; Mahon et al.,
2007; Crepaldi, 2008).
The functional dissociation between nouns and verbs raised
the question as to whether the neural underpinnings of these
grammatical classes are anatomically segregated in separate
brain regions. This issue was initially investigated in anatomo-
correlational studies, which altogether revealed a somewhat con-
troversial picture. Damasio and Tranel (1993), for example,
reported the case of two patients who had suffered from tempo-
ral damage and whose ability to retrieve nouns was specifically
impaired, and of one patient who had suffered a damage to the
posterior segment of the inferior frontal gyrus and whose ability
to retrieve verbs was impaired. In spite of some replication of this
fronto-temporal pattern (Daniele et al., 1994), these results do not
fit easily with what has been reported in several other anatomo-
clinical studies. For example, Aggujaro et al. (2006) studied lesion
localization in a sample of 20 aphasic patients suffering from dis-
proportionate impairment of either nouns or verbs: they found
no verb-impaired patient with a pure frontal damage, and several
cases with isolated left posterior-temporal and inferior-parietal
brain damage. Converging data arise from a study by De Renzi
and Di Pellegrino (1995), who described an aphasic patient with
vast frontal brain damage, but no specific problems in retrieving
verbs.
Data from functional neuroimaging studies are also rather
unclear as to whether the neural structures responsible for noun
and verb processing are anatomically segregated in the brain.
In one of the first neuroimaging investigations about this issue,
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Warburton et al. (1996) compared the cerebral activation related
to nouns and verbs in a verbal fluency task: they concluded
that the two grammatical classes recruit the same neural cir-
cuits, but verbs elicit stronger activations in these areas than
nouns. In spite of early replications of these findings (Perani et al.,
1999), several other studies have found that nouns and verbs do
recruit spatially segregated brain regions or, conversely that the
two grammatical classes elicit similarly strong activations in the
same areas. Saccuman et al. (2006) for example, working with
an fMRI picture naming study, found verb-specific activation in
the left intra-parietal sulcus, in the right fusiform gyrus, and in
the left cerebellum, while nouns determined an increased BOLD
signal in the right cuneus and the right posterior cingulate cor-
tex. However, Tyler et al. (2001) reported diametrically opposing
results in a lexical decision and a semantic categorization task; in
their study none of the cortical areas (with the sole exception of
the left BA 20/37) was activated in direct verbs-minus-nouns or
nouns-minus-verbs comparisons.
Results continue to be somewhat inconsistent if one consid-
ers the locations of verb- and noun-specific areas in those studies
where grammatical class effects were actually found. For exam-
ple, Shapiro et al. (2005) used a word/pseudo-word inflection
task and found that verbs provoked greater activation than nouns
in the anterior portion of the left superior frontal gyrus, in the
LIFG including Broca’s area, and in the right cerebellum, while
nouns elicited stronger activation than verbs in the middle part
of the superior temporal gyrus, the middle portions of the left
fusiform gyrus, and in the right insula and cerebellum. These
results are in line with the fronto-temporal dichotomy originally
described by Damasio and Tranel (1993), and were further con-
firmed in other neuroimaging studies (Chao and Martin, 2000;
Tranel et al., 2005a). However, no verb-specific frontal activation
was found in other experiments. Damasio et al. (2001) for exam-
ple, observed verb-specific activation in the middle left temporal
gyrus in an experiment where picture naming was compared to
a non-linguistic baseline (i.e., orientation judgment on unfamil-
iar faces). Berlingeri et al. (2008) conducted a factorial study
with two experimental tasks (picture naming of nouns and verbs,
and a verb-from-noun and noun-from-verb derivation task), and
found reliable across-task verb-specific activation bilaterally in
the precentral and postcentral gyri, in the right SMA, and again
bilaterally in the paracentral lobule, the superior parietal lobule,
the inferior parietal lobule, and the precuneus: none of the left
dorsolateral prefrontal areas was activated to a greater extent by
verbs than by nouns. Similar considerations can bemade when we
turn our attention to the brain areas that were shown to be asso-
ciated to noun processing. Bedny and Thompson-Schill (2006)
for example, found that the LIFG and the left inferior temporal
gyrus were more strongly activated by nouns than by verbs in a
semantic matching task. However, in a word inflection experi-
ment Shapiro et al. (2006) found that the only area emerging from
a direct nouns-minus-verbs comparison was the left fusiform
gyrus.
These apparently inconsistent data are quite relevant for the
hotly debated topic of sensorimotor contribution to abstract con-
cept representation (e.g., Gallese and Lakoff, 2005) and, more in
general, for that of embodied theories of cognition (e.g., Rizzolatti
and Sinigaglia, 2010). In fact verbs typically denote actions, and
frequently refer to human movements that clearly have motoric
counterparts in the cognitive system (e.g., to walk, to pick, to
throw, to talk); if indeed abstract concepts were truly based
on sensorimotor knowledge, verb lexical-semantic representation
would substantially call upon proprioceptive, tactile, and motoric
information (e.g., Shebani and Pulvermüller, 2013). Several theo-
ries have been proposed based on this core idea. They range from
a “soft” position whereby verb meaning relies on abstract repre-
sentations that interact dynamically with our sensory and motor
systems (Bedny and Caramazza, 2011), to a stronger position
whereby the verb meaning itself is the sensory-motor experience
that occurs every time a specific action is either made or observed
(e.g., Pulvermüller, 1999; Gallese and Lakoff, 2005). Theories at
the softer end of this continuum suggest that action verb process-
ing relies on a wide network of amodal brain regions including
left frontal, temporal, and parietal cortices; on the other hand,
strong embodied views of cognition suggest that action verb pro-
cessing is primarily based on the activity of the primary motor
cortex (Hauk et al., 2004). Other scholars, working along similar
lines, have reported data suggesting that verb processing relies on
a network of action-related brain areas outside the motor strip
(right SMA, right and left paracentral lobules, right and left supe-
rior and inferior parietal lobules, and right and left precuneus;
Berlingeri et al., 2008), thus proposing that verb lexical process-
ing activates action-oriented, visuo-spatial, rather than low-level
motoric information. It is interesting to note that a clear divide
between action verbs and non-action verbs does not emerge from
these data (Aggujaro et al., 2006; Berlingeri et al., 2008), which
would seem to imply that the parietal regions, which are the pri-
mary basis for the planning of object-related actions (Grefkes
and Fink, 2005), are also involved in the lexical processing of
non-action verbs.
Several other theories have been proposed to account for
neurofunctional data on verb and noun processing. Originally,
mostly on the basis of the influential paper by Damasio and Tranel
(1993), verbs and nouns were held to have distinct and anatom-
ically separate neural underpinnings, with verbs being mainly
processed in the left frontal regions and nouns in the left tempo-
ral lobe. This position continued to be held for quite some time
(Cappa et al., 2002; Cappa and Perani, 2003; Shapiro et al., 2006),
but seems to be hardly tenable: as noted in a recent review by
Crepaldi et al. (2011), of 15 neuroimaging studies that reported
verb-noun direct contrasts, only five showed verb-specific acti-
vation in left frontal areas, and only two showed noun-specific
activation in a left temporal region. Of course, caution should
be taken when interpreting these figures, as the use of different
technical and experimental details could determine changes in
the results of fMRI studies (e.g., block vs. event-related design,
statistical thresholds, sample size); but there still seems to be
little justification for suggesting a specific role in verb process-
ing for frontal areas. This consideration also casts doubts on a
more recent proposal which suggests that verb-specific processing
does not rely exclusively on frontal areas, but on a more com-
plex circuit that includes the left middle frontal gyrus (Willms
et al., 2011), or the temporo-parietal junction (Aggujaro et al.,
2006; Tranel et al., 2008). Basically, any theory that attributes
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a substantial role to frontal areas in verb processing seems to
be unsupported overall by fMRI/PET evidence (unless they can
explain why these cerebral regions do not emerge as verb-specific
in such a large proportion of the neuroimaging studies focusing
on this issue).
Another popular position is that grammatical class per se is
not an organizing principle in the neural organization of the
language areas; rather, the main divide would be semantic, and
would follow the object vs. action dichotomy (Bird et al., 2000,
2003; Vigliocco et al., 2011). From a behavioral point of view,
children would start by learning lexical labels for prototypical
objects and prototypical actions, and subsequently would dis-
cover that their distribution in sentences varies and that they
sub-serve different communicational roles (object words denote,
action words predicate). The grammatical classes of nouns and
verbs would then be built on the basis of these cues, but the dis-
tinction between the two would remain strongly linked to their
origins. This is why noun-verb neural effects emerge clearly only
when prototypical nouns (i.e., object nouns) and prototypical
verbs (i.e., action verbs) are investigated (Vigliocco et al., 2011).
From an anatomic point of view, this theory is very similar to
that outlined in the previous paragraph: action (verb) process-
ing would rely more on a fronto-parietal network, whereas object
(noun) processing would depend on inferotemporal structures.
Although functionally speaking the theory is plausible and might
be separated from its anatomical counterpart, much of the neu-
roimaging evidence provided so far does not support either a
specific role for frontal areas in action word/verb processing or
for temporal regions in object word/noun processing (Tyler et al.,
2001; Tranel et al., 2005a; Liljeström et al., 2008; Crepaldi et al.,
2011).
It should be apparent that the wealth of alternative accounts
is at least partly motivated by the diversity of the experimental
results reported so far. It is thus essential to try to distinguish
unreliable observations from those with a solid experimen-
tal base, also taking into account the number of factors that
may underlie inconsistent results across neuroimaging stud-
ies on nouns and verbs. These factors include, for example,
the high heterogeneity of the experimental and baseline tasks
used in the various studies. In fact, different tasks involve dif-
ferent cognitive processes, with two important consequences:
first, as it is plausible that different cognitive processes are car-
ried out in different parts of the cortex, it is unlikely that,
for example, the semantic processing of verbs will recruit the
same areas as the phonological processing of verbs. Moreover,
nouns and verbs might be anatomically segregated at some
cognitive stage (e.g., morphological analysis), but not at oth-
ers (e.g., phonological encoding); since different tasks tap into
different cognitive stages, it is not surprising that anatomical
separation might emerge in, e.g., picture naming, but not in,
e.g., lexical decision. Even when only focusing on neuroimaging
experiments, evidence has emerged from tasks such as picture
naming and syntactic judgment, lexical decision and genera-
tion of derived forms (e.g., “dealer” from “deal”), forced-choice
semantic association and verbal fluency. Orthographic process-
ing, lexical identification, semantic processing, syntactic plan-
ning and analysis, lexical selection, and phonological encoding
are all processing stages that have been addressed very differ-
ently in different studies, through the use of different exper-
imental tasks. Task diversity is thus clearly a factor that has
contributed variability to this literature (e.g., Berlingeri et al.,
2008).
Another important factor is cognitive processing load: some
recent studies have reported convincing evidence that brain acti-
vations change substantially according to whether a specific com-
bination of task and stimulus imposes a high cognitive demand,
or is instead very easy and fast to process (Thompson-Schill et al.,
1997; Snyder et al., 2007; Berlingeri et al., 2008). Scholars have
recently started to take these factors into account while evaluating
whether the data currently available can be explained satisfac-
torily within a theoretical account. However, they have come to
somewhat different conclusions. Vigliocco et al. (2011) suggest
that, once cognitive demand is taken into consideration, neu-
roimaging data on nouns and verbs can indeed be interpreted
in a theoretical framework that sits noun processing within the
inferior temporal cortex and verb processing within a network
involving frontal and parietal areas. On the contrary, Crepaldi
et al. (2011) deny the possibility that neuroimaging data on nouns
and verbs can be accounted for satisfactorily within any theoreti-
cal framework that assumes spatially segregated neural substrates
for the two grammatical classes. They also suggest that this holds
even after task-specific and cognitive demand effects were taken
into account. The authors propose that nouns and verbs are
processed in neural circuits that do not overlap completely (or
otherwise neuropsychological dissociations would never be pos-
sible), but are not clearly spatially segregated, at least at the spatial
resolution normally considered in neuroimaging studies. Noun
and verb circuits would be strictly interleaved with each other and
dispersed in a complex network spanning virtually all over the
brain. Thus, the emergence of grammatical class specific regions
in fMRI studies would be highly variable and very much depen-
dent on fine details concerning the task used, the specific stimuli
selected, the methods of analysis, etc. [for converging evidence
in this direction, see Liljeström et al. (2009) and Sahin et al.
(2009)].
To sum up, data on the neural basis of noun and verb process-
ing seem to be highly inconsistent, to the point that no general
theory proposed so far appears to be able to explain an accept-
able proportion of them. Descriptive reviews of this literature
have driven different authors to different conclusions (Crepaldi
et al., 2011; Vigliocco et al., 2011), thus calling for a more for-
mal assessment of this issue. In the present study fMRI data
on nouns and verbs were thus submitted to a quantitative and
theory-blind meta-analysis with the aim of addressing the fol-
lowing questions: (i) are the neural circuits responsible for noun
and verb processing spatially segregated in the brain? (ii) If there
are specific cerebral areas for nouns and verbs, where are they
located? (iii) Which theory of the neural processing of nouns
and verbs is best supported by this picture? As clearly highlighted
above, while addressing these questions it is necessary to take into
account which cognitive task generated brain activations. We thus
adopted a methodological approach that allows not only to assess
to what extent any brain region is committed to either nouns
or verbs, but also whether grammatical-class specificity depends
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on the experimental task, or rather holds independently of this
factor1.
There are several methods available for formal meta-analysis
of neuroimaging data, among which the most popular is probably
Activation Likelihood Estimation (ALE; Turkeltaub et al., 2002).
The logic behind this approach is simple, and yet very powerful.
A spatial probability distribution is modeled for each activa-
tion peak included in the dataset of interest. The voxel-by-voxel
union of these distributions is used as an activation likelihood
map, which is then tested for statistical significance against ran-
domly generated sets of foci. ALE was proven to be a reliable
way of blending evidence from multiple studies (e.g., Turkeltaub
et al., 2012) and was applied successfully to fields as diverse as
motor learning (Bernard and Seidler, 2013), autism (Dickstein
et al., 2013), and numbers and mental calculation (Arsalidou and
Taylor, 2011). However, it was not suited for our purposes. In
particular, ALE is not able to deal with design with multiple inde-
pendent variables, and here we want to consider the role of both
grammatical class (X1) and task (X2). ALE strategy in these cases
would be to consider separate sets of foci for each combination
of grammatical class and task (nouns in picture naming, verbs in
picture naming, nouns in lexical decision, and so on), and run
one meta-analysis for each of these sets. This strategy would be
problematic for two reasons. First, it would face a serious power
issue: the overall dataset would be divided into several subsets,
which would imply running meta-analyses on a low number of
peaks. Second (and most important), such an analysis would tell
us whether any given area is specific for any X1–X2 combination,
but it would not show in a statistically supported manner whether
any area is specific for, e.g., nouns in picture naming and verbs in
lexical decision, or nouns in semantic tasks and verbs in syntac-
tic tasks. In formal terms, it would not be possible to assess the
interaction between grammatical class and task. Because there is
solid evidence that this type of interactions do arise when assess-
ing grammatical class specificity in different tasks (e.g., Palti et al.,
2007; Berlingeri et al., 2008), this would have been a serious
limitation of the ALE procedure.
We thus resorted to hierarchical clustering to carry out the
meta-analysis (Jobard et al., 2003), using in particular the algo-
rithm designed by Cattinelli et al. (2013a) and previously adopted
by Cattinelli et al. (2013b). This algorithm permits the identifica-
tion of clusters from a data set of noun-related or verb-related
activation peaks on the basis of a pre-defined spatial resolution
criterion. At this stage, the algorithm was completely blind as
to which grammatical class or experimental task was associated
with each single peak: it simply grouped peaks that were spa-
tially close. After the clusters were identified, the distribution of
noun- and verb-specific peaks in each cluster was statistically
assessed in order to understand whether it was significantly dif-
ferent from chance. A similar analysis was carried out to capture
1Incidentally, the role of cognitive demand, which we believe to be the second
most important confounding factor in this literature, will not be investigated
explicitly in this paper; this is due to the fact that this factor is virtually impos-
sible to quantify operationally. However, because cognitive demand is highly
correlated with task, we are confident that at least part of its impact is indeed
taken up in this work.
grammatical-class specificities that were task-dependent (e.g.,
peaks that were associated with nouns in a given task, but with
verbs in another task). The important point to make here is that
the procedure was completely data-driven, and the spatial conti-
guity of the activation peaks was evaluatedwithout any theoretical
bias, a condition which is virtually impossible to reach in descrip-
tive meta-analyses (e.g., Crepaldi et al., 2011; Vigliocco et al.,
2011)—where some degree of subjective evaluation of data coher-
ence is inevitable—or in original experimental studies where the
experimental paradigm is generally constructed to assess some
specific theoretical tenet.
METHODS
DATA COLLECTION AND PREPARATION
The present meta-analysis is based on 36 neuroimaging stud-
ies investigating the neural basis of noun and verb processing
using either PET or fMRI on adult subjects, published on peer-
reviewed journals from 1996 to March 2011. The studies were
selected according to the following procedure. We first ran two
queries through the PubMed database using the following search
keys: “nouns AND verbs AND fMRI” and “noun ANDverbs AND
PET.” The search keys were sought in all entry fields. These queries
generated 64 and 15 entries, respectively. Because we were also
interested in papers that only included either nouns or verbs, we
ran other four queries through the same database searching for
“noun AND fMRI,” “nouns AND PET,” “verbs AND fMRI,” and
“verbs AND PET.” After removing duplicates, we were left with
164 records, which were then screened to exclude those stud-
ies that clearly did not satisfy the inclusion criteria as revealed
by the title, keywords, or abstract. For example, several studies
did include nouns and/or verbs as stimuli, but focused on cogni-
tive issues outside the interest of this meta-analysis (e.g., mental
images, syntax); other studies presented nouns and verbs in a
connected text, thus triggering semantic and syntactic process-
ing that clearly hinders any lexical interpretation of the results;
other studies did not make use of functional imaging techniques
(i.e., were purely behavioral or neuropsychological studies), or
investigated special populations, such as deaf people, children,
elderly people, or patients with brain injuries or some form of
degenerative disease. Fifty-six studies survived the screening and
were thus assessed more thoroughly. Among these 56, 20 were
excluded because they did not report any of the following: (i) a
simple effect analysis of nouns vs. a non–noun baseline; (ii) a sim-
ple effect analysis of verbs vs. a non-verb baseline; (iii) a direct
comparison analysis of verbs vs. nouns; (iv) a direct comparison
analysis of nouns vs. verbs. Region-of-interest analyses were not
considered.
The main characteristics of the 36 experiments included in this
meta-analysis are reported in Table 1.
We considered peaks emerging from simple effects of nouns
vs. baseline and verbs vs. baseline, and peaks corresponding
to direct comparisons of verbs-minus-nouns and nouns-minus-
verbs; activation coordinates that emerged in conjunction anal-
yses or main effects (e.g., the main effect of task irrespective to
grammatical class) and those reflecting more selective processes
(e.g., pure morphological processes, i.e., inflection of regular
verbs vs. inflection of irregular verbs) were excluded.
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Table 1 | List of the papers included in the present metanalysis.
Authors Year Technique Design Sample size p-value Experimental task
Warburton et al., 1996 1996 PET Block 9 0.005 Word fluency
Kiehl et al., 1999 1999 fMRI Block 6 0.001 Visual lexical decision
Perani et al., 1999 1999 PET Block 14 0.001 Visual lexical decision
Friederici et al., 2000 2000 fMRI Event 14 0.001 Syntactic task
Damasio et al., 2001 2001 PET Block 20 0.05 Picture naming
Tyler et al., 2001 2001 PET Block 9 0.05 (FWE) Visual lexical decision and Semantic task
Grossman et al., 2002 2002 fMRI Block 16 0.005 Semantic task
Hugdahl et al., 2003 2003 fMRI Block 13 0.001 Auditory lexical decision
Tyler et al., 2003 2003 fMRI Event 12 0.001 Semantic task
Davis et al., 2004 2004 fMRI Event 12 0.05 (FDR) Semantic task
Hernandez et al., 2004 2004 fMRI Block 9 0.001 Syntactic task
Li et al., 2004 2004 fMRI Block 8 0.001 Visual lexical decision
Rowan et al., 2004 2004 fMRI Event 10 0.05 (FWE) Word fluency
Tyler et al., 2004 2004 fMRI Event 12 0.001 Semantic task
Shapiro et al., 2005 2005 PET Block 12 0.001 Inflection task
Tranel et al., 2005a 2005a PET Block 10 0.05 Picture naming
Tranel et al., 2005b 2005b PET Block 10 0.05 (FWE) Picture naming
de Diego Balaguer et al., 2006 2006 fMRI Event 12 0.001 Inflection task
Marangolo et al., 2006 2006 fMRI Block 10 0.01 Derivational task
Saccuman et al., 2006 2006 fMRI Event 13 0.05 (FDR) Picture naming
Shapiro et al., 2006 2006 fMRI Event 10 0.005 Inflection task
Yokoyama et al., 2006 2006 fMRI Block 28 0.05 (FDR) Visual lexical decision
Grossman et al., 2007 2007 fMRI Event 25 0.05 (FWE) Semantic task
Longe et al., 2007 2007 fMRI Event 12 0.001 Semantic task
Thompson et al., 2007 2007 fMRI Event 17 0.05 (FDR) Visual lexical decision
Berlingeri et al., 2008 2008 fMRI Block 12 0.001 Picture naming and derivational task
Heim et al., 2008 2008 fMRI Block 28 0.05 (FWE) Word fluency
Liljeström et al., 2008 2008 fMRI Block 15 0.001 Picture naming
Siri et al., 2008 2008 fMRI Mini-block 12 0.05 (FDR) Picture naming
Tyler et al., 2008 2008 fMRI Event 15 0.001 Semantic task
Crescentini et al., 2010 2010 fMRI Block 14 0.05 (FWE) Derivational task
Finocchiaro et al., 2010 2010 fMRI Event 16 0.001 Inflection task
Khader et al., 2010 2010 fMRI Event 17 0.05 (Bonferroni) Word fluency
Thompson et al., 2010 2010 fMRI Event 17 0.05 (FDR) Auditory lexical decision
van Dam et al., 2010 2010 fMRI Event 16 0.005 Semantic task
Rodríguez-Ferreiro et al., 2011 2011 fMRI Block 14 0.001 Semantic task
FWE, Family Wise Error correction for multiple comparisons; FDR, False Discovery Rate correction for multiple comparisons.
After applying the above criteria the final working dataset was
composed of 946 stereotaxic activation loci, 454 associated with
nouns and 492 associated with verbs. Activation peaks were also
classified according to the experimental task in which they were
generated. We considered as separate categories in this variable:
(i) lexical decision; (ii) semantic tasks (including semantic cate-
gorization tasks, forced-choice semantic association tasks, pleas-
antness judgment tasks, and synonym monitoring tasks); (iii)
picture naming; (iv) generation tasks (including classical fluency
tasks and cued single-item generation); (v) derivational tasks; (vi)
inflectional tasks, including morphological judgment and phrase
completion, when this required the subjects to generate the cor-
rectly inflected form; and (vii) syntactic judgment tasks. We did
not separate tasks on the basis of whether they required covert vs.
overt responses; however, in the majority of the experiments con-
sidered in this work participants were required to produce their
responses covertly, so as to avoid movement-related artifacts in
the imaging data.
The stereotaxic coordinates of earlier studies—in which activa-
tion peaks were reported in terms of the Talairach and Tournoux
atlas (Talairach and Tournoux, 1988)—were transformed into the
more recent MNI (Montreal Neurological Institute) stereotaxic
space (Mazziotta et al., 1995); the transformation was done using
a MATLAB script described at http://imaging.mrc-cbu.cam.ac.
uk/imaging/MniTalairach.
CLUSTERING PROCEDURE
Functions available with MATLAB 7 (MathWorks corporation,
2004) were used to execute hierarchical clustering of activation
peaks. The code is available from the third author on request.
First, the algorithm computed squared Euclidean distances
between each pair of input data, and then merged, at each
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processing step, the two existing clusters with minimum dis-
similarity. Dissimilarity was measured adopting Ward’s (1963)
criterion, which at each processing step selects the two clus-
ters which, when merged, produce the minimum increase in the
total intra-cluster variance. This procedure resulted in a tree (see
Figure 1), whose leaves represent singletons (i.e., clusters formed
of a single activation peak), and whose root represents one large
cluster including all the 946 activation peaks input to the algo-
rithm. Each level of the tree reports the clusters created by the
algorithm at a specific processing step, as it progresses from indi-
vidual activation peaks at the lowest level to the all-inclusive final
cluster at the top of the tree. To determine the final set of clusters
for further analyses (i.e., the level at which we “cut” the cluster
tree), we averaged standard deviations in the x, y, and z direc-
tions over all clusters for each processing step. Starting from the
leaves, we moved up the tree until the average standard deviation
in each direction remained below 5mm: this was done in order to
obtain clusters whose dispersion around the center is compatible
with a standard neuroimaging spatial resolution of approximately
10mm.
Hierarchical clustering is sensitive to the order in which the
individual peaks are processed, thus generating alternative clus-
tering trees (Morgan and Ray, 1995). In order to tackle this
problem and preserve the uniqueness of the clustering solution,
a variant of the original algorithm was used which considers
all different clustering solutions (given a specific spatial resolu-
tion) and attempts to identify the best one on the basis of their
between-cluster error sum of squares (B-EES), defined as:
B− EES =
C∑
k= 1
nk(µk − µX)2 (1)
where C is the number of clusters in the considered solution, nk
is the number of elements in the cluster k, µk is the mean of
the cluster k, and µX is the mean of the entire dataset. Basically,
B – EES quantifies the spatial separation between the clusters,
and the best clustering solution is considered to be the one with
maximal separation, i.e., maximal B – EES.
The mean coordinates of each cluster included in the final
set were then passed as an input to a MATLAB script that was
developed for the automatic anatomical labeling of the activa-
tion coordinates. This script queries the Automatic Anatomical
Labeling (AAL) template available in the MRIcro visualization
software (Rorden and Brett, 2000) to identify each individual
cluster on the basis of its mean coordinates.
Hierarchical clustering identifies clusters of stereotaxic coor-
dinates on the grounds that the resulting solution (the set of
resulting clusters and the sets of coordinates that compose each
cluster) has a minimized within-cluster and between-cluster vari-
ance. This procedure, as discussed in the Introduction, has the
advantage of permitting a post-hoc assessment of the functional
meaning of a given cluster on the basis of its data content.
However, it does not quantify the significance of each individual
cluster with reference to the probability of a spatially distributed
statistical process. This aspect was investigated further by check-
ing that our significant clusters would have also emerged with a
different meta-analytical method, i.e., the Activation Likelihood
Estimate as implemented in the GingerAle software 2 (Eickhoff
et al., 2009; Turkeltaub et al., 2012).
STATISTICAL ANALYSIS
In order to guarantee sufficient statistical power to the analyses
and to exclude clusters that were not clear sign of converging evi-
dence, only those clusters that contained 10 or more activation
2GingerAle analyses were run over the entire dataset of foci (i.e., noun and
verb peaks were considered together) in order to create a statistical probability
map comparable to the outcome of the hierarchical clustering algorithm.
FIGURE 1 | Example of dendrogram (tree) resulting from the
hierarchical clustering procedure. The leaves at the bottom represent
each individual activation coordinate. At each subsequent step, two
clusters from the level immediately below are merged to form a new
cluster. The number of clusters is thus decreased by one at each
level, going from a total of N clusters at step 1 (where N is the
number of input activation peaks) to one all-inclusive cluster at the
last step.
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peaks, coming from at least five different studies were considered
further. Because it was impossible to determine a priori the exact
cluster size that granted the statistical analysis the desired reliabil-
ity, the 10-peaks and 5-studies thresholds were set a posteriori on
the basis of the actual distribution of the relevant variables in the
final cluster set (see Figure 2).
The clusters that survived this selection were analysed in order
to assess whether they were associated with (i) either grammat-
ical class, or (ii) a specific task, or (iii) showed a more complex
pattern reflecting a task-by-grammatical-class interaction. For
each cluster, we created a contingency table reporting the num-
ber of activation peaks for each combination of grammatical class
(verbs vs. nouns) and experimental task (lexical decision tasks
vs. semantic tasks vs. picture naming vs. fluency tasks vs. inflec-
tional tasks vs. derivational tasks vs. syntactic tasks). To assess
specificity for grammatical class, we tested whether the distri-
bution of noun- and verb-related peaks within each cluster was
significantly different from the overall proportion of noun- and
FIGURE 2 | Cluster distribution for the number of peaks included in
each cluster (X -axis) and the number of studies contributing
peaks to each cluster (Y -axis). The bimodal distribution of these
variables is illustrated in the main panel, where each point represents
a cluster (note that several points/clusters may overlap because of a
same number of studies and peaks included). Unimodal distributions
are represented through the histograms in the side panels. Dotted
lines represent cut-off values.
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verb-related peaks included in the whole sample of coordinates
(492/946= 0.52 for verbs and 454/946 = 0.48 for nouns). To this
end, we used the binomial distribution and computed the prob-
ability of observing a specific number of peaks associated with
a given grammatical class as the number of successes in a series
of independent randomly-distributed trials: when this probabil-
ity was below 0.05, the cluster was considered to be associated
with either noun or verb processing. The same logic was applied
to investigate task specificity; an exact multinomial test was used
to compare the peak distribution by task within each cluster with
the overall distribution of the entire set of peaks included in this
meta-analysis. Task-by-grammatical class interaction was tested
with Fisher’s exact test (Fisher, 1970); this estimates whether the
distribution of one categorical variable (grammatical class, in our
case) varies according to the levels of a second categorical variable
(experimental task), thus revealing clusters that were associated
with either grammatical class in one task (e.g., nouns in morpho-
logical tasks), but with the opposite grammatical class in another
task (e.g., verbs in picture naming). All post-clustering statisti-
cal analyses were performed using the free statistical software R
(version 2.10.1; R Development Core Team, 2005); the code is
available from the first author on request.
RESULTS
The algorithm identified a total of 120 clusters scattered all over
the brain, with 1 to 20 individual peaks each, from 1 to 11
different studies (see Figure 2), and had mean standard devia-
tions along the three axes of 4.41mm (x-axis), 4.76mm (y-axis)
and 4.89mm (z-axis). Thirty-two of these clusters included 10
or more peaks from at least 5 different studies and were thus
analysed for grammatical class and task specificity, and for task-
by-grammatical class interaction. A complete list of these clusters
is provided in Table 2.
Three clusters were associated with nouns (clusters 33, 86, and
118; see Table 3A), while only one was associated with verbs (clus-
ter 82; Table 3B). The clusters associated with nouns were located
in the left inferior parietal gyrus, the left angular gyrus, and the
right inferior frontal gyrus, pars triangularis (see Figure 3A). The
cluster associated with verbs was located in the posterior part of
the right middle occipital gyrus (Figure 3A).
Three clusters (42, 45, and 101) showed task-by-grammatical
class interaction as revealed by Fisher’s exact test; these clus-
ters were located in the right insula, in the left inferior frontal
gyrus, pars opercularis, and in the left insula/left temporal pole
(Figure 3B). The task-by-grammatical class distribution of the
activation peaks included in each cluster is provided in Table 4.
Because task specificity was not the focus of this study and
was only investigated as a co-varying variable for grammatical
class (i.e., we were interested in the interaction between task and
grammatical class, not in task effects per se), we do not report
extensively on these results here, nor we will comment on them
in the Discussion. However, we do note that the data on clus-
ter task-specificity confirmed the reliability of our methodology,
as they highlighted all the benchmark associations between tasks
and brain areas, including fluency and the inferior frontal gyrus
bilaterally (clusters 44 and 45); morphology and the left inferior
frontal gyrus (clusters 100 and 111); word production in general
(fluency + picture naming + derivational task) and the left infe-
rior frontal gyrus (cluster 46); and picture naming and the middle
occipital gyrus (cluster 2; see Table 5).
As a final assessment of our data, we evaluated its spatial sig-
nificance with GingerAle, which showed that all seven clusters
identified by hierarchical clustering and associated with either
noun processing, verb processing or task-by-grammatical class
interaction were also significant with this analysis (pFDR < 0.05;
Laird et al., 2005).
DISCUSSION
At a first glance, the results reported in the previous studies on
the cerebral localization of noun and verb processing appear to be
largely inconsistent (Perani et al., 1999; Tyler et al., 2001; Cappa
et al., 2002; Saccuman et al., 2006; Siri et al., 2008; Crepaldi et al.,
2011), which puts into question the generality of any theory pro-
posed so far on the issue (Hauk et al., 2004; Berlingeri et al., 2008;
Bedny and Caramazza, 2011). The present study aimed at pro-
viding a formal assessment of these apparently inconsistent data,
so as to understand whether noun and verb processing recruits
separate brain circuits, and, if so, where noun- and verb-specific
areas are located in the human brain. We addressed these issues
by feeding a clustering algorithm with all the activation peaks
reported as grammatical-class specific in PET and fMRI stud-
ies on nouns and verbs; the clusters singled out by this process
were then analysed to find out (i) whether they contained more
noun- or verb-related peaks than might be expected on the basis
of chance and (ii) whether the noun-verb distribution of the acti-
vation peaks varied across different experimental tasks. Three of
the 32 reliable clusters generated by the algorithm were found
to be associated with nouns; these clusters are located in the left
inferior parietal gyrus, the left angular gyrus, and the right infe-
rior frontal gyrus, pars triangularis. One cluster, located in the
right middle occipital gyrus, included a higher-than-chance pro-
portion of verb-related peaks. Finally, three clusters showed a
task-by-grammatical class interaction; these were located in the
right insula, in the left inferior frontal gyrus, pars opercularis, and
in the left insula/left temporal pole.
A first, self-evident, observation is that the vast majority of
the clusters identified by the algorithm (27 out of 32) is not spe-
cific for grammatical class. It is important to note that the peaks
in these clusters have been included in this meta-analysis only
because they were reported as either noun or verb specific in
the original studies. In this perspective, the results suggest that
brain areas may be specific for grammatical class in one partic-
ular study, but turn out to be not specific for grammatical class
if all the data available is considered. The evidence just does not
add up, confirming the results that emerged from a qualitative
review (Crepaldi et al., 2011). Importantly, some of these clusters
are located in areas that have been the focus of discussion in pre-
vious neuroimaging studies (e.g., the left inferior frontal gyrus,
the left insula, the middle temporal gyrus) and that most scholars
in the field consider as associated with either noun or verb pro-
cessing as a matter of fact: this data utterly show that this is far
from being clear.
This has important consequences for most of the theories on
the neural underpinnings of noun and verb processing. Clearly, a
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Table 2 | List of the clusters that include at least 10 activation peaks from at least five different studies obtained through the application of the
algorithm.
ID Center Standard No. of peaks No. of studies Brain area
deviation
X Y Z X Y Z
FRONTAL AREAS
71 −47 3 40 4.27 3.62 5.59 17 8 Left precentral gyrus
68 52 12 31 5.07 7.38 6.04 11 8 Right precentral gyrus
69 −7 7 53 2.5 3.72 4.65 15 8 Left SMA
16 −5 16 45 3.9 6.15 3.55 14 6 Left SMA
18 −44 32 14 5.57 2.62 4.41 13 10 Left IFG, pars triangularis
46 −48 25 26 3.99 3.3 4.54 19 8 Left IFG, pars triangularis
56 −45 17 9 3.18 4.13 3.3 13 6 Left IFG, pars triangularis
118 38 28 26 3.04 6.85 6.13 12 7 Right IFG, pars triangularis
72 −32 27 −5 4.02 3.1 4.9 11 6 Left IFG, pars orbitalis
100 −47 26 6 2.85 4.73 5.27 14 7 Left IFG, pars orbitalis
45 −54 15 19 3.75 3.43 2.82 10 6 Left IFG, pars opercularis
111 −43 11 29 4.18 4.15 4.21 20 10 Left IFG, pars opercularis
44 47 17 5 5.24 4.24 5.04 11 7 Right IFG, pars opercularis
57 −44 5 9 6.01 4.7 3.52 11 6 Left insula
73 −34 19 5 3.88 3.53 4.38 19 11 Left insula
42 33 22 −2 3.68 4.98 5.08 15 8 Right insula
TEMPORAL AREAS
101 −51 10 −5 4.57 3.43 5.01 17 8 Left Superior temporal pole
6 −54 −54 −1 4.52 3.64 5.31 11 9 Left middle temporal gyrus
20 −60 −34 3 3.07 4.86 2.72 10 7 Left middle temporal gyrus
82 53 −36 3 2.55 4.45 4.3 10 5 Right middle temporal gyrus
64 −41 −49 −25 4.68 4.5 3.77 18 9 Left fusiform gyrus
116 −31 −34 −22 5.96 4.61 5.4 16 9 Left fusiform gyrus
PARIETAL AREAS
94 −52 −12 43 3.35 5.23 4.38 11 6 Left postcentral gyrus
51 −31 −51 51 4.62 5.09 3.87 10 6 Left inferior parietal lobule
85 −44 −48 50 3.8 5.19 7.34 10 7 Left inferior parietal lobule
86 −47 −33 45 3.66 5.1 5.28 13 7 Left inferior parietal lobule
33 −33 −61 42 3.47 4.52 3.67 10 6 Left angular gyrus
OCCIPITAL AREAS
2 −50 −71 4 3.25 3.02 4.74 16 7 Left middle occipital gyrus
32 −23 −93 −2 3.68 3.9 6.97 11 6 Left inferior occipital gyrus
40 −43 −71 −12 5.95 5.66 2.67 10 5 Left inferior occipital gyrus
OTHER AREAS
66 −13 −18 13 3.91 3.47 3.43 10 5 Left thalamus
10 42 −53 −26 4.43 4.5 4.94 12 5 Right cerebellum
From left to right: cluster ID; mean X, Y, and Z coordinates of the peaks included in each cluster, and their standard deviation along the three axes; number of peaks
included in each cluster; number of studies from which these peaks come; and brain area in which the central coordinates of each cluster are included.
position whereby frontal areas are predominantly involved in verb
processing, whereas temporal regions are more active for noun
processing (Damasio and Tranel, 1993; Cappa and Perani, 2003) is
not tenable. No single verb-related cluster emerged in the frontal
lobe, in spite of the fact that 17 clusters were identified in that
brain region. Similarly, among the six clusters singled out by the
algorithm in the left and right temporal lobes, none included sig-
nificantly more noun peaks than verb peaks. Although radically
different from the functional point of view, also the seman-
tic theory of noun and verb representation put forward by
Vigliocco et al. (2011) suggests that verb/action word process-
ing should rely predominantly on frontal areas and noun/object
word processing relies predominantly on temporal regions. This
hypothesis is therefore not supported by the results of the present
study.
Similar considerations can be made with respect to strong
embodied views according to which lexical processing of move-
ment verbs should elicit activation in the portion of the motor
strip that represents the body part involved in the actual move-
ment (e.g., the hand for “pick,” the tongue for “lick”; Hauk et al.,
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FIGURE 3 | Panel (A) illustrates the clusters that are associated either with
noun (green) or verb (purple) processing. Panel (B) reports the clusters that
are associated with task-by-grammatical class interaction (the brighter the
color, the higher the number of activation peaks included in the cluster).
Table 3 | Noun- and verb-specific clusters as revealed by the
meta-analytic procedure.
ID Brain area Peak distribution p-value
Nouns Verbs Nouns Verbs
(A) NOUN-RELATED CLUSTERS
33 Left angular gyrus 8 2 0.04
86 Left inferior parietal gyrus 12 1 0.001
118 Right inferior frontal gyrus,
pars triangularis
11 1 0.002
(B) VERB-RELATED CLUSTERS
82 Right middle temporal gyrus 1 9 0.05
From left to right: cluster ID; brain area in which the center of the cluster falls;
noun- and verb-related peak distribution; probability associated with this dis-
tribution, calculated separately for noun and verb on the basis of a binomial
distribution.
2004). As all types of verbs were considered in our meta-analysis,
it was clearly unrealistic to expect that most verb clusters would
be located in the primary motor area. However, six studies in our
database employed motor verbs (Damasio et al., 2001; Grossman
et al., 2002; Tyler et al., 2003; Saccuman et al., 2006; van Dam
et al., 2010; Rodríguez-Ferreiro et al., 2011), which contributed
59 peaks to our set. Even considering that the motor verbs used
in these studies involved different body parts (and would thus be
expected to drive activation in different parts of the motor strip
according to Hauk et al., 2004), it is surprising that none of these
59 peaks clustered into the primary motor area.
Table 4 | Task-by-grammatical class distribution of the activation
peaks included in each of the five clusters showing interaction
between these two factors.
Task Nouns Verbs p-value
ID = 42 Right insula
LexDec 5 1
SemJdg 1 4
PicNam 0 1
Flu 0 0
Der 0 0
Infl 0 0
SyntJdg 3 0
Total 9 6 p = 0.048
ID = 45 Left inferior frontal gyrus, pars opercularis
LexDec 2 0
SemJdg 0 0
PicNam 0 0
Flu 0 4
Der 2 1
Infl 1 0
SyntJdg 0 0
Total 5 5 p = 0.048
ID = 101 Left insula/Left temporal pole
LexDec 1 1
SemJdg 0 2
PicNam 1 0
Flu 0 2
Der 1 0
Infl 0 1
SyntJdg 8 0
Total 11 6 p = 0.02
LexDec, lexical decision; SemJdg, semantic judgment; PicNam, picture nam-
ing; Flu, fluency tasks; Der, derivational tasks; Infl, inflectional tasks; SyntJdg,
syntactic judgment.
Bedny and Caramazza (2011) and Berlingeri et al. (2008) inter-
preted their results as indicating that verb processing is based
on a fairly wide neural network, rather than on individual brain
areas: the former authors suggested that this network is left lat-
eralized and includes frontal, parietal, and temporal cortices,
whereas the latter authors described data pointing to a more
bilateral circuit, based particularly on posterior parietal areas.
These reports do not seem to fit the data which emerged from
this meta-analysis. None of the five parietal clusters identified by
the algorithm were significantly associated with verbs (against
Berlingeri et al., 2008). With regard to Bedny and Caramazza
(2011) proposal [but see also Hagoort (2005) and Mahon and
Caramazza (2008)], the high rate of non-specific clusters is not
compatible with a wide, verb-specific circuit that involves left
frontal, temporal and parietal areas. Moreover, the location of
those clusters that did show specificity for either grammatical
class is also inconsistent with this view. It is possible, of course
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Table 5 | Task-specific clusters.
Peak distribution
ID Brain area LexDec SemJdg PicNam Flu Der Infl SynJdg p-value
OVERALL DISTRIBUTION IN THE WHOLE DATASET (N = 946)
191 (20.2%) 142 (15%) 235 (24.8%) 139 (14.7%) 122 (12.9%) 68 (7.2%) 49 (5.2%)
(A) LEXICAL DECISION
46 Left inferior occipital gryus 6 (60%) 3 (30%) 0 0 1 (10%) 0 0 0.024
(B) SEMANTIC JUDGMENT
16 L SMA 1 (7.1%) 9 (64.3%) 3 (21.4%) 0 0 0 1 (7.1%) 0.001
56 L IFG, pars triangularis 0 7 (53.8%) 3 (23.1%) 2 (15.4%) 0 0 1 (7.7%) 0.008
(C) PICTURE NAMING
2 L middle occipital gyrus 0 1 (6.3%) 14 (87.5%) 1 (6.3%) 0 0 0 <0.001
116 L fusiform gyrus 1 (6.3%) 1 (6.3%) 10 (62.5%) 0 0 4 (25%) 0 0.001
(D) FLUENCY
44 R inferior frontal gyrus 2 (18.1%) 3 (27.3%) 0 6 (54.5%) 0 0 0 0.008
45 L inferior frontal gyrus, pars opercularis 2 (20%) 0 0 4 (40%) 3 (30%) 1 (10%) 0 0.039
69 L SMA 2 (13.3%) 1 (6.7%) 1 (6.7%) 6 (40%) 3 (20%) 0 2 (13.3%) 0.037
(E) DERIVATIONAL TASKS
100 L inferior frontal gyrus, pars orbitalis 0 2 (14.3%) 4 (28.5%) 1 (7.1%) 6 (42.9%) 0 1 (7.1%) 0.032
(F) SYNTACTIC JUDGMENT
101 L superior temporal pole 2 (11.8%) 2 (11.8%) 1 (5.9%) 2 (11.8%) 1 (5.9%) 1 (5.9%) 8 (47%) <0.001
(G) CLUSTERS RELATED TO MORE THAN ONE TASK
42 R insula 6 (40%) 5 (33.3%) 0 1 (6.7%) 0 0 3 (20%) 0.001
46 L inferior frontal gyrus, pars triangularis 0 2 (10.5%) 8 (42.1%) 5 (26.3%) 4 (21%) 0 0 0.046
111 L inferior frontal gyrus, pars opercularis 0 3 (15%) 6 (30%) 3 (15%) 4 (20%) 0 4 (20%) 0.015
From left to right: cluster ID; brain area in which the center of the cluster falls; cluster distribution for task, in number of peaks and percentages; probability associated
with this distribution, calculated on the basis of an exact multinomial test. Italic figures indicate the task where the majority of the peaks lie.
that a fronto-temporo-parietal network is indeed operating when
decoding verbs (particularly action verbs), as suggested by Bedny
and Caramazza (2011). However, this network is clearly also
called upon by noun processing.
Altogether, the rigorous, theory-blind meta-analytic proce-
dure used in this study confirms that the theories proposed so far
are able to account for a limited portion of the available results.
Moreover, they indicate that this does not depend on confound-
ing variables. For example, several scholars have noted that the
type of experimental task may affect which brain areas emerge
as related to noun or verb processing (Palti et al., 2007); so, using
different tasks in different studies may have hindered factual regu-
larities in anatomo-functional correlations. However, we did take
task into account in this study, and still the evidence remains weak
for consistent associations between brain areas and grammatical
classes (see also Crepaldi et al., 2011).
The vast predominance of unspecific clusters is more compat-
ible with a framework in which a set of brain areas (including,
but not limited to, the left inferior frontal gyrus, the left insula,
and the middle temporal gyrus) is responsible for both noun and
verb processing. The neural circuits related to these grammatical
classes would be spatially segregated (otherwise neuropsycho-
logical dissociations and the grammatical-class specificity that
emerged in certain imaging studies would never have been pos-
sible), but would also be located within the same brain areas, so
as to become consistently separable only at a spatial resolution
below those of fMRI and PET (Crepaldi et al., 2011).
Not only does this theoretical position reconcile the scattered
neuroimaging evidence on noun and verb processing, but it is
also strongly supported by three elements. The first emerged
from our interaction analyses, which revealed that the left infe-
rior frontal gyrus and the left insula, often assumed to be verb
areas, are in fact associated with either noun or verb process-
ing according to the specific task under investigation (see also
Thompson-Schill et al., 1997; Berlingeri et al., 2008). Although
this evidence should be treated with caution, given that some
tasks were clearly under-represented in our set, it is in line with
the hypothesis that these brain areas host both noun and verb
related circuits, which are used in different ways by different
test settings. The second and third elements in support of this
“spatial-contiguity” hypothesis come from recent studies using
imagingmethods other than PET and fMRI: these studies demon-
strated how noun- and verb-related cerebral activity are closely
linked, both spatially and temporally. In an experiment compar-
ing fMRI and MEG, Liljeström et al. (2009) failed to find any
specific noun- or verb-related activation, with the only excep-
tion of a quasi-significant difference in the frontal region between
320 and 800ms after stimulus presentation, i.e., well-below the
temporal resolution allowed by fMRI. On the other hand, Sahin
et al. (2009), using a methodology that combines a millisecond
temporal resolution and a millimeter spatial resolution (Intra-
Cranial Electrophysiology), showed that cortical signatures of
lexical, syntactic and phonological processing for nouns and verbs
are virtually identical, even in time windows that are well-below
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fMRI temporal precision (between 200 and 450ms from stimulus
presentation).
This general view of the neural underpinnings of noun and
verb processing would also account for anatomo-correlative data.
The neurophysiology of brain lesions clearly does not permit
anatomo-clinical associations at a fine-grained spatial resolution:
only sizeable lesions yield neuropsychologically relevant symp-
toms, so it is not possible to associate specific cognitive operations
to particularly small brain regions. It follows that if noun and
verb circuits are located close to each other in a specific brain
area and can only be distinguished well below the spatial reso-
lution allowed by anatomo-clinical correlation studies, it is not
surprising that even similar brain lesions give rise to different
behavioral patterns (e.g., a severe verb-specific impairment in
one case—Damasio and Tranel, 1993; Tranel et al., 2008—as
opposed to moderate, grammatical-class unspecific impairment
in another—De Renzi and Di Pellegrino, 1995).
Within this general framework, our meta-analysis does find
some clusters that are specific for grammatical class consistently
across studies. Particularly in consideration of the fact that some
of these clusters sit in areas that have gone unnoticed in previous
research, it is worth taking a close look.
By means of the clustering procedure, noun-specific clusters
were identified in the left angular gyrus, the left inferior pari-
etal lobule and the right inferior frontal gyrus, pars triangularis.
Given that the vast majority of the peaks in these clusters come
from lexical decision, picture naming, and semantic judgment
tasks, it is likely that these areas underlie lexical-semantic process-
ing, possibly word identification and retrieval. These data further
confirm the implications in the previous paragraphs, i.e., that
strong embodied theories of concept representation are not sup-
ported by neurolinguistic evidence on noun and verb processing.
These theories would lead one to expect visuo-motor cortices to
underlie lexical and semantic processing of nouns, whereas the
noun-specific clusters identified in this study are located out-
side those areas. Tool nouns (e.g., screwdriver, whistle) would
have been a perfect test case as they are clearly related to spe-
cific motor patterns; however, activation peaks for these nouns
were so rare in our data set (only 30 out of a total of 454 noun
peaks) that it was not possible to apply the clustering algorithm
to them alone. Nevertheless, they could well have clustered in,
say, the primary motor area or posterior parietal areas had they
been consistently located there; but in fact they did not cluster
at all—only 1 of those 30 peaks is included in a noun cluster—
, which indicates that they were scattered over different brain
regions.
One cluster, located in the posterior part of the right middle
temporal gyrus, turned out to be predominantly associated with
verb processing; action-related activation in this brain region is
frequently reported in the literature though its contribution is
for some reason neglected. It is only in recent years that atten-
tion has been focused on the right posterior middle temporal
gyrus during action processing (Kable et al., 2005; Tettamanti
et al., 2005; Assmus et al., 2007; Deen and McCarthy, 2010).
Assmus et al. (2007), for example, explored the neural activations
associated with a familiarity judgment on pictures represent-
ing whole-body actions (e.g., dancing) vs. manipulable objects
(e.g., telephone) and non-manipulable objects (e.g., motorway),
observing increased bilateral activation in the middle temporal
gyrus, the inferior and superior parietal cortex, and the premo-
tor cortex. However, their study did not involve explicit linguistic
processing, and so these areas might simply reflect the activation
of action-related, human body representation. This interpreta-
tion is supported by the fact that the posterior part of the
superior temporal gyrus is often associated with sensory-motor
integration (e.g., Bangert et al., 2006) and is anatomically con-
tiguous to the visual area MT [x = 45.5 (8.1); y = −65.9(7.9);
z = −0.9(6.5); Mendola et al., 1999]. It could thus be speculated
that visuo-motor processing and the sensorimotor attributes of
actions may have represented the phylogenetic and ontogenetic
“point of entry” for the development of a more complete action
knowledge, which might have evolved gradually into a more gen-
eral verb knowledge [for a similar argument on different brain
areas, see Aggujaro et al. (2006) and Berlingeri et al. (2008); see
also Watson and Chatterjee (2011), for a general formulation
of the “point of entry” theory]. In light of this hypothesis it is
intriguing that a right, and not left, hemisphere cluster in this
area turned out to be associated with verbs: the two posterior
middle temporal clusters identified by the algorithm in the left
hemisphere contained the same quantity of noun and verb peaks.
This could be explained by the fact that most studies investigated
tool nouns, thus inducing activation to the left posterior temporal
and inferior parietal regions, typically associated with tool use.
This hypothesis provides a certain degree of support to weak
embodied theories, which simply see abstract representations as
related to their visuo-motor counterpart. Verb representations
would be linked to action-related, human body information,
which, however, would by no means constitute the core of verb
representations; these latter have their own stance independently
of motoric information, and relate to it through the mediation of
higher-level, modality independent neural systems (e.g., Hagoort,
2005; Bedny and Caramazza, 2011; van Ackeren et al., 2012).
CONCLUSION
The meta-analysis described in this paper has confirmed that
the neuroimaging evidence obtained so far on noun and verb
processing does not indicate a great deal of grammatical class
specificity in the brain, at least at the spatial resolution normally
allowed by imaging experiments: most of the brain areas that have
been considered as associated with noun- and verb-processing are
shown to include a statistically indistinguishable quantity of noun
and verb peaks, if all the imaging studies on this issue are consid-
ered together. These data are at odds with embodied theories of
verb representation, in both the weak and strong variants, and
also with the widely held account that verb processing relies on
frontal areas and noun processing is based on temporal regions.
Instead, these results are coherent with the idea that the neural
circuits responsible for verb and noun processing are not spatially
segregated in different brain areas, but are strictly interleaved with
each other in a mainly left-lateralized fronto-temporo-parietal
network (26 of the 32 clusters identified by the algorithm lie in
that hemisphere), which, however, also includes right-hemisphere
structures (Liljeström et al., 2009; Sahin et al., 2009; Crepaldi
et al., 2011). In this general picture, there are indeed brain regions
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where noun and verb circuits cluster together so as to become
spatially visible to fMRI and PET in a replicable manner, but they
are limited in number and are probably located in the periphery
of the functional architecture of the neural structures responsible
for noun and verb processing.
ACKNOWLEDGMENTS
Portions of this work have been presented at the 28th European
Workshop on Cognitive Neuropsychology (Bressanone, Italy,
24–29 January 2010) and at the First meeting of the European
Federation of the Neuropsychological Societies (Edinburgh,
UK, 2–5 September 2008). Isabella Cattinelli is now at
Fresenius Medical Care, Bad Homburg, Germany. This research
was supported in part by grants from the Italian Ministry
of Education, University and Research to Davide Crepaldi,
Claudio Luzzatti and Eraldo Paulesu. Davide Crepaldi, Manuela
Berlingeri, Claudio Luzzatti, and Eraldo Paulesu conceived and
designed the study; Manuela Berlingeri collected the data;
Isabella Cattinelli and Nunzio A. Borghese designed the clus-
tering algorithm; Davide Crepaldi, Manuela Berlingeri, and
Isabella Cattinelli analysed the data; Davide Crepaldi drafted
the Introduction; Manuela Berlingeri and Isabella Cattinelli
drafted the Material and Methods section; Manuela Berlingeri
and Davide Crepaldi drafted the Results and Discussion sec-
tions; Davide Crepaldi, Manuela Berlingeri, Claudio Luzzatti, and
Eraldo Paulesu revised the whole manuscript.
REFERENCES
Aggujaro, S., Crepaldi, D., Pistarini, C.,
Taricco, M., and Luzzatti, C. (2006).
Neuro-anatomical correlates of
impaired retrieval of verbs and
nouns: interaction of grammatical
class, imageability and actionality.
J. Neurolinguistics 19, 175–194. doi:
10.1016/j.jneuroling.2005.07.004
Arsalidou, M., and Taylor, M.
J. (2011). Is 2+2=4. Meta-
analysis of brain areas needed
for numbers and calculations.
Neuroimage 54, 2382–2393. doi:
10.1016/j.neuroimage.2010.10.009
Assmus, A., Glessing, C., Weiss, P. H.,
and Fink, G. (2007). Functional
interactions during the retrieval
of conceptual action knowl-
edge: an fMRI study. J. Cogn.
Neurosci. 19, 1004–1012. doi:
10.1162/jocn.2007.19.6.1004
Bangert, M., Peschel, T., Schlaug,
G., Rotte, M., Drescher, D.,
Hinrichs, H., et al. (2006).
Neuroimage 30, 917–926. doi:
10.1016/j.neuroimage.2005.10.044
Bedny, M., and Caramazza, A. (2011).
Perception, action, and word
meanings in the human brain:
the case from action verbs. Ann.
N.Y. Acad. Sci. 1224, 81–95. doi:
10.1111/j.1749-6632.2011.06013.x
Bedny, M., and Thompson-Schill,
S. L. (2006). Neuroanatomically
separable effects of imageability
and grammatical class during
single-word comprehension.
Brain Lang. 98, 127–139. doi:
10.1016/j.bandl.2006.04.008
Berlingeri, M., Crepaldi, D., Roberti,
R., Scialfa, G., Luzzatti, C., and
Paulesu, E. (2008). Nouns and verbs
in the brain: grammatical class
and task specific effects as revealed
by fMRI. Cogn. Neuropsychol. 25,
528–558. doi: 10.1080/02643290701
674943
Bernard, J. A., and Seidler, R. D.
(2013). Cerebellar contributions to
visuomotor adaptation and motor
sequence learning: an ALE meta-
analysis. Front. Hum. Neurosci. 7:27.
doi: 10.3389/fnhum.2013.00027
Berndt, R. S., Mitchum, C. C.,
Haendiges, A. N., and Sandson, J.
(1997). Verb retrieval in aphasia. 1.
Characterizing single word impair-
ments. Brain Lang. 56, 68–106. doi:
10.1006/brln.1997.1727
Bird, H., Howard, D., and Franklin,
S. (2000). Why is a verb like an
inanimate object. Grammatical
category and semantic category
deficits. Brain Lang. 72, 246–309.
doi: 10.1006/brln.2000.2292
Bird, H., Howard, D., and Franklin,
S. (2003). Verbs and nouns: the
importance of being imageable.
J. Neurolinguistics 16, 113–149. doi:
10.1016/S0911-6044(02)00016-7
Cappa, S. F., and Perani, D. (2003).
The neural correlates of noun and
verb processing. J. Neurolinguistics
16, 183–189. doi: 10.1016/S0911-
6044(02)00013-1
Cappa, S. F., Sandrini, M., Rossini,
P. M., Sosta, K., and Miniussi, C.
(2002). The role of the left frontal
lobe in action naming: rTMS evi-
dence. Neurology 59, 720–723. doi:
10.1212/WNL.59.5.720
Cattinelli, I., Valentini, G., Paulesu,
E., and Borghese, N. A. (2013a).
A novel approach to the prob-
lem of non-uniqueness of the solu-
tion in hierarchical clustering. IEEE
Trans. Neural Netw. Learn. Syst. 24,
1166–1173. doi: 10.1109/TNNLS.
2013.2247058
Cattinelli, I., Gallucci, M., Borghese,
N. A., and Paulesu, E. (2013b).
Reading the reading brain: a
new meta-analysis of func-
tional imaging data on reading.
J. Neurolinguistics 26, 214–238. doi:
10.1016/j.jneuroling.2012.08.001
Chao, L. L., and Martin, A. (2000).
Representation of manipulable
man-made objects in the dorsal
stream. Neuroimage 12, 478–484.
doi: 10.1006/nimg.2000.0635
Crepaldi, D. (2008). Nouns and Verbs
in the Brain: Neuropsychological,
Psycholinguistic, and Neuroimaging
Evidence. Unpublished PhD the-
sis, University of Milano-Bicocca,
Milan.
Crepaldi, D., Aggujaro, S., Arduino, L.
S., Zonca, G., Ghirardi, G., Inzaghi,
M. G., et al. (2006). Noun-verb
dissociation in aphasia: the role of
imageability and functional locus
of the lesion. Neuropsychologia
44, 73–89. doi: 10.1016/j.neuro
psychologia.2005.04.006
Crepaldi, D., Berlingeri, M., Paulesu,
E., and Luzzatti, C. (2011). A
place for nouns and a place for
verbs. A critical review of neu-
rocognitive data on grammatical-
class effects. Brain Lang. 116, 33–49.
doi: 10.1016/j.bandl.2010.09.005
Crescentini, C., Shallice, T., and
Macaluso, E. (2010). Item
retrieval and competition in
noun and verb generation: an
FMRI study. J. Cogn. Neurosci. 22,
1140–1157. doi: 10.1162/jocn.2009.
21255
Damasio, A. R., and Tranel, D. (1993).
Nouns and verbs are retrieved with
differently distributed neural sys-
tems. Proc. Natl. Acad. Sci. U.S.A.
90, 4957–4960. doi: 10.1073/pnas.
90.11.4957
Damasio, H., Grabowski, T. J., Tranel,
D., Ponto, L. L., Hichwa, R. D.,
and Damasio, A. R. (2001). Neural
correlates of naming actions
and of naming spatial relations.
Neuroimage 13, 1053–1064. doi:
10.1006/nimg.2001.0775
Daniele, A., Giustolisi, L., Silveri, M.
C., Colosimo, C., and Gainotti,
G. (1994). Evidence for a possible
neuroanatomical basis for lexical
processing of nouns and verbs.
Neuropsychologia 32, 1325–1341.
doi: 10.1016/0028-3932(94)00066-2
Davis, M. H., Meunier, F., and
Marslen-Wilson, W. D. (2004).
Neural responses to morphological,
syntactic, and semantic properties
of single words: an fMRI study.
Brain Lang. 89, 439–449. doi:
10.1016/S0093-934X(03)00471-1
de Diego Balaguer, R., Rodríguez-
Fornells, A., Rotte, M., Bahlmann,
J., Heinze, H.-J., and Münte, T. F.
(2006). Neural circuits subserving
the retrieval of stems and gram-
matical features in regular and
irregular verbs. Hum. Brain Mapp.
27, 874–888. doi: 10.1002/hbm.
20228
Deen, B., and McCarthy, G. (2010).
Reading about the actions of oth-
ers: biological motion imagery
and action congruency influence
brain activity. Neuropsychologia 48,
1607–1615. doi: 10.1016/j.neuro
psychologia.2010.01.028
De Renzi, E., and Di Pellegrino, G.
(1995). Sparing of verbs and pre-
served, but ineffectual reading in
a patient with impaired word pro-
duction. Cortex 31, 619–636. doi:
10.1016/S0010-9452(13)80016-0
Dickstein, D. P., Pescosolido, M. F.,
Reidy, B. L., Galvan, T., Kim,
K. L., Seymour, K. E., et al.
(2013). Developmental meta-
analysis of the functional neural
correlates of autism spectrum
disorders. J. Am. Acad. Child
Adolesc. Psychiatry 52, 279–289. doi:
10.1016/j.jaac.2012.12.012
Eickhoff, S. B., Laird, A. R., Grefkes, C.,
Wang, L. E., Zilles, K., and Fox, P. T.
(2009). Coordinate based activation
likelihood estimation meta-analysis
of neuroimaging data: a random
effects approach based on empiri-
cal estimates of spatial uncertainty.
Hum. Brain Mapp. 30, 2907–2926.
doi: 10.1002/hbm.20718
Finocchiaro, C., Basso, G., Giovenzana,
A., and Caramazza, A. (2010).
Morphological complexity reveals
verb-specific prefrontal engage-
ment. J. Neurolinguistics 23,
553–563. doi: 10.1016/j.jneuroling.
2010.04.004
Frontiers in Human Neuroscience www.frontiersin.org June 2013 | Volume 7 | Article 303 | 13
Crepaldi et al. Nouns and verbs in the brain
Fisher, R. A. (1970). Statistical Methods
for Research Workers. Edinburgh:
Oliver and Boyd.
Friederici, A. D., Opitz, B., and
Cramon, D. Y. (2000). Segregating
semantic and syntactic aspects of
processing in the human brain:
an fMRI investigation of differ-
ent word types. Cereb. Cortex
10, 698–705. doi: 10.1093/cercor/
10.7.698
Gallese, V., and Lakoff, G. (2005).
The brain’s concepts: the role
of the sensory-motor system in
conceptual knowledge. Cogn.
Neuropsychol. 22, 455–479. doi:
10.1080/02643290442000310
Grefkes, C., and Fink, G. R. (2005).
The functional organization of the
intraparietal sulcus in humans and
monkeys. J. Anat. 207, 3–17. doi:
10.1111/j.1469-7580.2005.00426.x
Grossman, M., Koenig, P., DeVita, C.,
Glosser, G., Alsop, D., Detre, J.,
et al. (2002). Neural representation
of verb meaning: an fMRI study.
Hum. Brain Mapp. 15, 124–134. doi:
10.1002/hbm.10117
Grossman, M., Troiani, V., Koenig, P.,
Work, M., and Moore, P. (2007).
How necessary are the stripes of
a tiger. Diagnostic and character-
istic features in an fMRI study
of word meaning. Neuropsychologia
45, 1055–1064. doi: 10.1016/j.neuro
psychologia.2006.09.022
Hagoort, P. (2005). On Broca, brain,
and binding: a new framwork.
Trends Cogn. Sci. 9, 416–423. doi:
10.1016/j.tics.2005.07.004
Hauk, O., Johnsrude, I., and
Pulvermüller, F. (2004).
Somatotopic representation
of action words in human
motor and premotor cor-
tex. Neuron 41, 301–307. doi:
10.1016/S0896-6273(03)00838-9
Heim, S., Eickhoff, S. B., and Amunts,
K. (2008). Specialisation in Broca’s
region for semantic, phono-
logical, and syntactic fluency.
Neuroimage 40, 1362–1368. doi:
10.1016/j.neuroimage.2008.01.009
Hernandez, A. E., Kotz, S. A.,
Hofmann, J., Valentin, V. V.,
Dapretto, M., and Bookheimer, S.
Y. (2004). The neural correlates of
grammatical gender decisions in
Spanish. Neuroreport 15, 863–866.
doi: 10.1097/00001756-200404090-
00026
Hillis, A., and Caramazza, A. (1995).
Representation of grammat-
ical knowledge in the brain.
J. Cogn. Neurosci. 7, 369–407. doi:
10.1162/jocn.1995.7.3.396
Holmes, J. M., Marshall, J. C.,
and Newcombe, F. (1971).
Syntactic class as a determinant
of word-retrieval in normal and
dyslexic subjects. Nature 234, 418.
doi: 10.1038/234418a0
Hugdahl, K., Thomsen, T., Ersland,
L., Rimol, L. M., and Niemi, J.
(2003). The effects of attention
on speech perception: an fMRI
study. Brain Lang. 85, 37–48. doi:
10.1016/S0093-934X(02)00500-X
Jobard, G., Crivello, F., and Tzourio-
Mazoyer, N. (2003). Evaluation of
the dual route theory of reading:
a metanalysis of 35 neuroimaging
studies. Neuroimage 20, 693–712.
doi: 10.1016/S1053-8119(03)00343-
4
Kable, J. W., Kan, I. P., Wilson,
A., Thompson-Schill, S. L., and
Chatterjee, A. (2005). Conceptual
representations of action in the
lateral temporal cortex. J. Cogn.
Neurosci. 17, 1855–1870. doi:
10.1162/089892905775008625
Khader, P. H., Jost, K., Mertens, M.,
Bien, S., and Rosler, F. (2010).
Neural correlates of generating
visual nouns and motor verbs
in a minimal phrase context.
Brain Res. 1318, 122–132. doi:
10.1016/j.brainres.2009.12.082
Kiehl, K. A., Liddle, P. F., Smith, A.
M., Mendrek, A., Forster, B. B., and
Hare, R. D. (1999). Neural path-
ways involved in the processing of
concrete and abstract words. Hum.
Brain Mapp. 7, 225–233.
Laird, A. R., Fox, M., Price, C. J., Glahn,
D. C., Uecker, A. M., Lancaster, J.
L., et al. (2005). ALE metaanalysis:
controlling the false discovery rate
and performing statistical contrasts.
Hum. Brain Mapp. 25, 155–164. doi:
10.1002/hbm.20136
Li, P., Jin, Z., and Tan, L. H. (2004).
Neural representations of nouns
and verbs in Chinese: an fMRI
study. Neuroimage 21, 1533–1541.
doi: 10.1016/j.neuroimage.
2003.10.044
Liljeström, M., Hultén, A., Parkkonen,
L., and Salmelin, R. (2009).
Comparing MEG and fMRI views
to naming actions and objects.
Hum. Brain Mapp. 30, 1845–1856.
doi: 10.1002/hbm.20785
Liljeström, M., Tarkiainen, A.,
Parviainen, T., Kujala, J.,
Numminen, J., Hiltunen, J.,
et al. (2008). Perceiving and
naming actions and objects.
Neuroimage 41, 1132–1141. doi:
10.1016/j.neuroimage.2008.03.016
Longe, O., Randall, B., Stamatakis,
E. A., and Tyler, L. K. (2007).
Grammatical categories in the
brain: the role of morphologi-
cal structure. Cereb. Cortex 17,
1812–1820. doi: 10.1093/cercor/
bhl099
Luzzatti, C., Raggi, R., Zonca, G.,
Pistarini, C., Contardi, A., and
Pinna, G. D. (2002). Verb-noun
double dissociation in aphasic
lexical impairments: the role of
word frequency and of imageabil-
ity. Brain Lang. 81, 432–444. doi:
10.1006/brln.2001.2536
Mahon, B. Z., and Caramazza, A.
(2008). A critical look at the
embodied cognition hypothesis
and a new proposal for grounding
conceptual content. J. Physiol.
Paris 102, 59–70. doi: 10.1016/
j.jphysparis.2008.03.004
Mahon, B. Z., Costa, A., Peterson, R.,
Vargas, K. A., and Caramazza, A.
(2007). Lexical selection is not by
competition: a reinterpretation of
semantic interference and facili-
tation effects in the picture-word
interference paradigm. J. Exp.
Psychol. Learn. 33, 503–535. doi:
10.1037/0278-7393.33.3.503
Marangolo, P., Piras, F., Galati, G.,
and Burani, C. (2006). Functional
anatomy of derivational morphol-
ogy. Cortex 42, 1093–1106. doi:
10.1016/S0010-9452(08)70221-1
MathWorks corporation (2004).
MATLAB 7. MathWorks.
Mazziotta, J. C., Toga, A. W., Evans,
A., Fox, P., and Lancaster, J. (1995).
A probabilistic atlas of the human
brain: theory and rationale for
its development. the International
Consortium for Brain Mapping
(ICBM).Neuroimage 2, 89–101. doi:
10.1006/nimg.1995.1012
Mendola, J. D., Dale, A. M., Fischi,
B., Liu, A. K., and Tootell, R.
B. H. (1999). The representation
of illusory and real contours in
human cortical visual areas revealed
by functional magnetic resonance
imaging. J. Neurosci. 19, 8560–8572.
Miceli, G., Silveri, M. C., Villa, G.,
and Caramazza, A. (1984). On the
basis for the agrammatic’s difficulty
in producing main verbs. Cortex
20, 207–220. doi: 10.1016/S0010-
9452(84)80038-6
Morgan, B. J. T., and Ray, A. P.
G. (1995). Non-uniqueness and
inversion in cluster analysis. J. R.
Stat. Soc. Ser. C Appl. Stat. 44,
117–134.
Palti, D., Shachar, M. B., Hendler, T.,
and Hadar, U. (2007). Neural cor-
relates of semantic and morpho-
logical processing of Hebrew nouns
and verbs. Hum. Brain Mapp. 28,
303–314. doi: 10.1002/hbm.20280
Perani, D., Cappa, S. F., Schnur, T.,
Tettamanti, M., Collina, S., Rosa, M.
M., et al. (1999). The neural corre-
lates of verb and noun processing.
A PET study. Brain 122, 2337–2344.
doi: 10.1093/brain/122.12.2337
Pulvermüller, F. (1999). Words in
the brain’s language. Behav. Brain
Sci. 22, 253–279. doi: 10.1017/
S0140525X9900182X
R Development Core Team. (2005).
R: A Language and Environment
for Statistical Computing. Vienna:
R Foundation for Statistical
Computing.
Rizzolatti, G., and Sinigaglia, C. (2010).
The functional role of the parieto-
frontal mirror circuit: interpreta-
tions and misinterpretations. Nat.
Rev. Neurosci. 11, 264–274. doi:
10.1038/nrn2805
Rodríguez-Ferreiro, J., Gennari, S. P.,
Davies, R., and Cuetos, F. (2011).
Neural correlates of abstract verb
processing. J. Cogn. Neurosci. 23,
106–118. doi: 10.1162/jocn.2010.
21414
Rorden, C., and Brett, M. (2000).
Stereotaxic display of brain lesions.
Behav. Neurol. 12, 191–200.
Rowan, A., Liégeois, F., Vargha-
Khadem, F., Gadian, D., Connelly,
A., and Baldeweg, T. (2004).
Cortical lateralization during
verb generation: a combined
ERP and fMRI study. Neuroimage
22, 665–675. doi: 10.1016/j.
neuroimage.2004.01.034
Saccuman, M. C., Cappa, S. F., Bates,
E. A., Arevalo, A., Della Rosa,
P., Danna, M., et al. (2006). The
impact of semantic reference on
word class: an fMRI study of action
and object naming. Neuroimage
32, 1865–1878. doi: 10.1016/
j.neuroimage.2006.04.179
Sahin, N. T., Pinker, S., Cash, S.
S., Schomer, D., and Halgren, E.
(2009). Sequential processing of lex-
ical, grammatical, and phonologi-
cal information within Broca’s area.
Science 326, 445–449. doi: 10.1126/
science.1174481
Sereno, J. A. (1999). Hemispheric dif-
ferences in grammatical class. Brain
Lang. 70, 13–28. doi: 10.1006/brln.
1999.2137
Shapiro, K. A., Moo, L. R., and
Caramazza, A. (2006). Cortical sig-
natures of noun and verb produc-
tion. Proc. Natl. Acad. Sci. U.S.A.
103, 1644–1649. doi: 10.1073/pnas.
0504142103
Shapiro, K. A., Mottaghy, F. M.,
Schiller, N. O., Poeppel, T. D.,
Flüss, M. O., Müller, H.-W.,
et al. (2005). Dissociating neu-
ral correlates for nouns and
verbs. Neuroimage 24, 1058–1067.
doi: 10.1016/j.neuroimage.2004.
10.015
Shebani, Z., and Pulvermüller, F.
(2013). Moving the hands and
feet specifically impairs working
memory for arm- and leg-related
Frontiers in Human Neuroscience www.frontiersin.org June 2013 | Volume 7 | Article 303 | 14
Crepaldi et al. Nouns and verbs in the brain
action words. Cortex 49, 222–231.
doi: 10.1016/j.cortex.2011.10.005
Siri, S., Tettamanti, M., Cappa, S.
F., Della Rosa, P., Saccuman, C.,
Scifo, P., et al. (2008). The neural
substrate of naming events: effects
of processing demands but not of
grammatical class. Cereb. Cortex
18, 171–177. doi: 10.1093/cercor/
bhm043
Snyder, H., Feigenson, K., and
Thompson-Schill, S. (2007).
Prefrontal cortical response to
conflict during semantic and
phonological tasks. J. Cogn.
Neurosci. 19, 761–775. doi:
10.1162/jocn.2007.19.5.761
Talairach, J., and Tournoux, P. (1988).
Co-planar Stereotaxic Atlas of the
Human Brain: 3-D Proportional
System: An Approach to Cerebral
Imaging. New York, NY: Thieme
Medical Publishers.
Tettamanti, M., Buccino, G., Saccuman,
M. C., Gallese, V., Danna, M.,
Scifo, P., et al. (2005). Listening
to action-related sentences acti-
vates fronto-parietal motor circuits.
J. Cogn. Neurosci. 17, 1–9. doi:
10.1162/0898929053124965
Thompson, C. K., Banakdarpour, B.,
and Fix, S. F. (2010). Neural mech-
anisms of verb argument structure
processing in agrammatic aphasic
and healthy age-matched Listeners.
J. Cogn. Neurosci. 22, 1993–2011.
doi: 10.1162/jocn.2009.21334
Thompson, C. K., Bonakdarpour, B.,
Fix, S. C., Blumenfeld, H. K.,
Parrish, T. B., Gitelman, D. R.,
et al. (2007). Neural correlates of
verb argument structure processing.
J. Cogn. Neurosci. 19, 1753–1767.
doi: 10.1162/jocn.2007.19.11.1753
Thompson-Schill, S., D’Esposito, M.,
Aguirre, G., and Farah, M. (1997).
Role of left inferior prefrontal cortex
in retrieval of semantic knowledge:
a re-evaluation. Proc. Natl. Acad.
Sci. U.S.A. 94, 14792–14797. doi:
10.1073/pnas.94.26.14792
Tranel, D., Manzel, K., Asp, E., and
Kemmerer, D. (2008). Naming
dynamic and static actions:
neuropsychological evidence.
J. Physiol. Paris 102, 80–94. doi:
10.1016/j.jphysparis.2008.03.008
Tranel, D., Martin, C., Damasio, H.,
Grabowski, T. J., and Hichwa,
R. (2005a). Effects of noun-verb
homonymy on the neural correlates
of naming concrete entities and
actions. Brain Lang. 92, 288–299.
doi: 10.1016/j.bandl.2004.01.011
Tranel, D., Grabowski, T. J., Lyon,
J., and Damasio, H. (2005b).
Naming the same entities from
visual or from auditory stimulation
engages similar regions of left
inferotemporal cortices. J. Cogn.
Neurosci. 17, 1293–1305. doi:
10.1162/0898929055002508
Turkeltaub, P. E., Eden, G. F., Jones,
K. M., and Zeffiro, T. A. (2002).
Meta-analysis of the functional
neuroanatomy of single-word
reading: method and validation.
Neuroimage 16, 765–780. doi:
10.1006/nimg.2002.1131
Turkeltaub, P. E., Eickhoff, S. B., Laird,
A. R., Fox, M., Wiener, M., and
Fox, P. (2012). Minimizing within-
experiment and within-group
effects in activation likeli-
hood estimation meta-analyses.
Hum. Brain Mapp. 33, 1–13. doi:
10.1002/hbm.21186
Tyler, L. K., Bright, P., Fletcher, P.,
and Stamatakis, E. A. (2004).
Neural processing of nouns and
verbs: the role of inflectional
morphology. Neuropsychologia
42, 512–523. doi: 10.1016/j.neuro
psychologia.2003.10.001
Tyler, L. K., Randall, B., and Stamatakis,
E. A. (2008). Cortical differentia-
tion for nouns and verbs depends
on grammatical markers. J. Cogn.
Neurosci. 20, 1381–1389. doi:
10.1162/jocn.2008.20095
Tyler, L. K., Russell, R., Fadili, J., and
Moss, H. E. (2001). The neural rep-
resentation of nouns and verbs: PET
studies. Brain 124, 1619–1634. doi:
10.1093/brain/124.8.1619
Tyler, L. K., Stamatakis, E. A., Dick,
E., Bright, P., Fletcher, P., and
Moss, H. (2003). Objects and
their actions: evidence for a neu-
rally distributed semantic system.
Neuroimage 18, 542–557. doi:
10.1016/S1053-8119(02)00047-2
van Ackeren, M. J., Casasanto, D.,
Bekkering, H., Hagoort, P., and
Rueschemeyer, S.-A. (2012).
Pragmatics in action: indi-
rect requests engage theory
of mind areas and the corti-
cal motor network. J. Cogn.
Neurosci. 24, 2237–2247. doi:
10.1162/jocn_a_00274
van Dam, W. O., Rueschemeyer,
S.-A., and Bekkering, H. (2010).
How specifically are action
verbs represented in the neural
motor system: an fMRI study.
Neuroimage 53, 1318–1325. doi:
10.1016/j.neuroimage.2010.06.071
Vigliocco, G., Vinson, D., Druks, J.,
Barber, H., and Cappa, S. (2011).
Nouns and verbs in the brain: a
review of behavioural, electrophys-
iological, neuropsychological and
imaging studies. Neurosci. Biobehav.
Rev. 35, 407–426. doi: 10.1016/j.
neubiorev.2010.04.007
Warburton, E., Wise, R. J., Price, C.
J., Weiller, C., Hadar, U., Ramsay,
S., et al. (1996). Noun and verb
retrieval by normal subjects. Studies
with PET. Brain 119, 159–179. doi:
10.1093/brain/119.1.159
Ward, J. H. J. (1963). Hierarchical
grouping to optimize an
objective function. J. Am.
Stat. Assoc. 58, 236–244. doi:
10.1080/01621459.1963.10500845
Watson, C. E., and Chatterjee,
A. (2011). The functional
neuroanatomy of actions.
Neurology 2011, 1428–1434. doi:
10.1212/WNL.0b013e3182166e2c
Willms, J., Shapiro, K., Peelen,
M., Pajtas, P., Costa, A., Moo,
L., et al. (2011). Language-
invariant verb processing regions
in Spanish-English bilinguals.
Neuroimage 57, 251–261. doi:
10.1016/j.neuroimage.2011.04.021
Yokoyama, S., Miyamoto, T., Riera,
J., Kim, J., Akitsuki, Y., Iwata, K.,
et al. (2006). Cortical mechanisms
involved in the processing of verbs:
an fMRI study. J. Cogn. Neurosci.
18, 1304–1313. doi: 10.1162/jocn.
2006.18.8.1304
Conflict of Interest Statement: The
authors declare that the research
was conducted in the absence of any
commercial or financial relationships
that could be construed as a potential
conflict of interest.
Received: 08 January 2013; accepted: 06
June 2013; published online: 27 June
2013.
Citation: Crepaldi D, Berlingeri M,
Cattinelli I, Borghese NA, Luzzatti C and
Paulesu E (2013) Clustering the lexicon
in the brain: a meta-analysis of the neu-
rofunctional evidence on noun and verb
processing. Front. Hum. Neurosci. 7:303.
doi: 10.3389/fnhum.2013.00303
Copyright © 2013 Crepaldi, Berlingeri,
Cattinelli, Borghese, Luzzatti and
Paulesu. This is an open-access article
distributed under the terms of the
Creative Commons Attribution License,
which permits use, distribution and
reproduction in other forums, provided
the original authors and source are
credited and subject to any copyright
notices concerning any third-party
graphics etc.
Frontiers in Human Neuroscience www.frontiersin.org June 2013 | Volume 7 | Article 303 | 15
